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Abstract
Trioza erytreae is one natural psyllid vector of Candidatus liberibacter, the causal agent of the citrus greening disease (HLB). 
Since its introduction in 2014 into the Iberian Peninsula, T. erytreae was able to spread continuously toward southern coastal 
regions of Portugal and northern coastal regions of the Cantabric sea in Spain. Identifying key areas of potential colonization 
by the psyllid vector is crucial to anticipate derived problems of establishing the disease. This work aimed to find potential 
areas that could be colonized by T. erytreae throughout the Iberian Peninsula using 1 km spatial data resolution, a physical 
barrier, long-distance dispersal events (LDEs), and 30 years of simulation. The bioclimatic suitability of Citrus spp. was 
used as a surrogate of its spatial distribution and a measure of habitat invasibility. Two localities, one in Portugal and one 
in Spain, were considered as initial points of the spread of T. erytreae. Four spread scenarios were initially simulated, cor-
responding to very low, low, medium, and high spread. An altitude of 400 m was included in the model as a physical barrier, 
and cells up to 500 km apart were allowed to be colonized due to LDEs. In this work, three key risk areas were identified, 
the citrus-growing areas of Setúbal (Portugal) and Huelva (Spain), and the potential corridors that may connect Guipúzcoa, 
where T. erytreae is already present, with the Ebro valley (Spain). Future modeling and simulation studies should include 
biological constraints such as the effect of parasitoids on the population of T. erytreae (e.g., Tamarixia dryi) and other bar-
riers or corridors.
Keywords Monitoring · HLB · African citrus psyllid · MigClim · Invasion · Europe
Key Message
• The possible spread of Trioza erytreae, psyllid vector of 
HLB, throughout citrus areas in the Iberian Peninsula 
was assessed
• High-spatial-resolution data, a physical barrier, and long-
distance dispersal events were used
• The obtained models for 7 years overlapped the current 
spread of T. erytreae
• Two key areas for monitoring in Spain and one in Portu-
gal were identified
• Further efforts in modeling are critical for pest manage-
ment of T. erytreae and HLB
Introduction
Citrus greening disease or huanglongbing (HLB) is caused 
by the Gram-negative bacterium Candidatus liberibacter 
spp. Worldwide, there is an increasing interest in modeling 
the current and future geographical distribution of the psyl-
lid vectors of HLB due to the damage it causes on citrus 
crops. HLB symptoms encompass yellow shoots shown by 
young flushes on infected trees, leaves with blotchy mot-
tle, and yellow veins, and fruits with color inversion (Bové 
2006).
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The Asian citrus psyllid, Diaphorina citri Kuwayama, 
1908, and the African citrus psyllid, Trioza erytreae (del 
Guercio, 1918), are vectors of the putative causal agent of 
HLB. Both species have high spreadability, and once a new 
area is invaded and colonized, their eradication is costly or 
unsuccessful (Aubert and Quilici 1983; Gallien et al. 2010). 
Hence, efforts in predicting the current and future geograph-
ical distribution of HLB and its psyllid vectors have been 
made for the sake of developing and applying preventive 
measures and efficient control strategies (e.g. Narouei-Khan-
dan 2016; Aidoo et al. 2019; Ajene et al. 2021; Benhadi-
Marín et al. 2020; Urbaneja-Bernat et al. 2020). Moreover, 
one of the psyllid vectors alone, T. erytreae, also reduces 
crop yield causing death in up to 90% of untreated young 
plants because of the formation of open gall-like structures 
and strong deformation of leaves (Cocuzza et al. 2017). 
Together, the effects may lead to losses up to 74% in cit-
rus crops (e.g. Singerman and Rogers 2020). In light of the 
destructive potential of both the disease and the psyllid vec-
tor, detection and monitoring for citrus psyllid vectors are 
primary measures for a quick diagnosis and confirmation of 
HLB (Bové 2006).
Trioza erytreae is associated with plants of the Ruta-
ceae family and shows a high preference for Citrus limon 
(L.) (Moran 1968; Benhadi-Marín et al. unpublished data). 
Therefore, studying and predicting the spatiotemporal 
dynamics of citrus psyllids as a proxy for HLB risk could 
be a tool for disease management (Bayles et al. 2017). The 
success of a biological invasion relies on key spatial and 
temporal processes. Accordingly, the causes and extent 
of the spread of HLB psyllid vectors have been studied 
from different points of view. For example, Zorzenon et al. 
(2021) investigated the climatic variables driving the move-
ment patterns of D. citri and found that immigration was 
positively related to the new citrus flush production, which 
was, in turn, dependent on the maximum temperature and 
daily minimum temperature and rainfall during the previ-
ous weeks. Using artificial release experiments, Kobori et al. 
(2011) suggested that adults of D. citri moved little after 
reaching a host plant. On the other hand, Sakamaki (2005) 
suggested that wind-assisted long-distance dispersal events 
(LDEs hereafter) may allow D. citri to travel up to 470 km in 
Japan and Antolinez et al. (2021) found that the flight capac-
ity of D. citri is negatively affected above 30ºC. Also, spatial 
drivers such as barriers raised interest, and Tomaseto et al. 
(2016) studied the effect of host and non-hosts plant barriers 
on the dispersal of D. citri. Unfortunately, little is known yet 
about the dispersal drivers and parameters of T. erytreae.
A wide range of core-modeling (sensu Di Cola et al. 
2017) techniques and platforms based on the relationship 
of a species and the environment are available to make 
spatial predictions; however, predicting the potential geo-
graphic distribution of an invading species is challenging. 
For example, using environmental niche models based on 
the early occurrence of an invasive species may underes-
timate the potential future distribution since the spreading 
success may not be clear in the new landscape (Peterson 
2005). Accordingly, further analyses to include processes 
such as dispersal can be useful to predict the actual dis-
tribution (Di Cola et al. 2017). In this context, different 
approaches are generally adopted for developing invasive 
species distribution models (iSDMs) such as predicting 
the potential distribution of a biological invasion by mod-
eling the habitat requirements (e.g., climatic suitability) 
and estimating the actual distribution considering colo-
nization time lag and dispersal limitations (e.g., barriers) 
(see Václavík et al. 2010).
Since habitat niche models may not capture sensu 
stricto the dynamics of invasions, other procedures such as 
curve fitting models, matrix population models, metapopu-
lation models, landscape models, individual-based models, 
mechanistic niche models, and cellular automatons arose 
(see Gallien et al. 2010). For example, modeling platforms 
such as MigClim (Engler and Guisan 2009) allow the cou-
pling of predictive distribution maps (habitat suitability 
of the species of interest) with a cellular automaton that 
simulates dispersal, colonization, growth, and extinction 
of the species in the landscape.
In the Iberian Peninsula, D. citri is not yet present but 
T. erytreae was first reported in 2014 from Vila Nova de 
Arousa (northwestern Spain), although it was detected 
shortly after in Porto (northwest Portugal) (Pérez-Otero 
et al. 2015). Using a series of PRA (pest risk analysis) 
models (i.e., models to support the quantitative assess-
ment of spread in pest risk analysis), Benhadi-Marín 
et al. (2020) suggested that the observed distribution of 
T. erytreae during the first 5 years of spread throughout 
the Iberian Peninsula (i.e., years 2014–2019) was best fit-
ted by a kernel dispersal model with two simultaneous 
entry points (Vila Nova de Arousa and Porto, respec-
tively) instead of considering only the first one. However, 
since the model did not include any physical constraint to 
predict the spread (beyond the bioclimatic suitability of 
the host) nor long-distance dispersal events (LDEs), the 
simulated occupied area after 5 years of spread greatly 
extended beyond the observed area toward inner main-
land territory. To the best of our knowledge, no attempts 
have been made yet to model the potential risk areas of 
colonization by T. erytreae using a spread-based approach 
considering barriers and LDEs. Hence, in this work we 
aimed to refine the approach followed by Benhadi-Marín 
et al. (2020) in three ways: (1) improving the spatial data 
resolution, (2) including a physical barrier and LDEs for 
modeling purposes, and (3) extending the prediction to 
30 years after the introduction of T. erytreae in the Iberian 
Peninsula, and (4) simulating different scenarios of spread.




The occurrence dataset of T. erytreae was an update of the 
one used in Benhadi-Marín et al. (2020), i.e., the pool of 
records provided by the Spanish and Portuguese govern-
ment technical reports for the period 2014–2021 (Xunta de 
Galicia. 2017, 2019; DGAV 2016–2021) plus recent reports 
of presence throughout the northernmost area of Spain, i.e., 
Asturias, Cantabria, and Basque Country (BOC 2020; EPPO 
2020). The occurrence data set of the host was obtained 
by combining the available data of the Global Biodiver-
sity Information Facility online database (GBIF 2020) for 
the whole genera Citrus (GBIF.org 2020), the Information 
System on Land Occupation of Spain (SIOSE 2020), and 
the occurrence data of T. erytreae. The citrus occurrence 
dataset was filtered to minimize overfitting so that only pres-
ence locations interspaced at least 30 km were retained for 
modeling.
Modeling platform and tools
The spread model was fed using the bioclimatic suitability 
of the host (Citrus spp.) as a surrogate of its spatial distri-
bution and a measure of habitat invasibility throughout the 
Iberian Peninsula, and the two entry points of T. erytreae 
in the Iberian Peninsula suggested by Benhadi-Marín et al. 
(2020). The bioclimatic suitability of Citrus was estimated 
using the R implementation of the machine learning method 
Maxent (Phillips et  al. 2006). The MigClim R package 
(Engler et al. 2012) was used to predict the dispersal of T. 
erytreae after 30 years since the introduction in the Iberian 
Peninsula. The MigClim R package was used to implement 
species-specific dispersal constraints into the projection of 
the Citrus distribution model. The spread model uses a cel-
lular automaton procedure in which the basic modeling unit 
is a cell that can be inhabited or not. According to our geo-
graphical knowledge on the region, the altitude was selected 
as a potential physical barrier. The gridded altitudinal data 
were obtained from a digital elevation model (Reuter et al. 
2007). The whole modeling process was conducted in R (R 
Core Team 2019).
Model development
The bioclimatic suitability of Citrus was estimated using the 
maxent function of {dismo} package (Hijmans et al. 2017). 
Although colinearity among drivers has little effect on Max-
ent (Feng et al. 2019), we used the four most contributing 
bioclimatic variables (i.e., percentage of contribution > 10%) 
found by Benhadi-Marín et al. (2020) for the Iberian Pen-
insula. The selected bioclimatic variables were obtained 
from the WorldClim (Fick and Hijmans 2017) database 
at 30 s spatial resolution (~ 1  km2 at the equator) (Online 
Resource: Table S1). Model selection followed Muscarella 
et al. (2014). The best model was selected as the one with 
the lowest AIC (Akaike information criterion) across the 
combinations of feature classes and regularization multipli-
ers using the {ENMeval} package (Muscarella et al. 2014). 
The feature classes (i.e., the transformations of the original 
covariates) used were linear, product, quadratic, and hinge 
combined with eight regularization multipliers (for model 
smoothing purposes) (β = 0.5, 1, 1.5, and 2) and the “check-
erboard1” method for partitioning occurrence. After model 
tuning, the AUC (area under the receiver operating charac-
teristic curve) was calculated for the optimal model as an 
independent measure of predictive accuracy based on the 
ranking of locations (Merow et al. 2013). Finally, the ROC 
curve (receiver operating characteristic, a graphical repre-
sentation of sensitivity versus specificity) was calculated 
following Steven and Phillips (2009) using the {ROCR} 
package (Sing et al. 2005), and the response curves for each 
bioclimatic variable were drawn using the {dismo} package.
The spread models were developed using the MigClim.
migrate function of the MigClim package and parameter-
ized as follows (see the comprehensive user guide for details 
using the function MigClim.userGuide): The input habitat 
suitability data (Citrus spp.) was used in continuous mode so 
that the values of habitat suitability were used as the condi-
tional probability that a cell becomes colonized. Only cells 
with an associated climatic suitability P > 0.5 were consid-
ered as suitable to be colonized by T. erytreae. The initial 
distribution of T. erytreae in the Iberian Peninsula was set 
at Vilanova de Arousa (Spain) (42.562, −8.823) and Porto 
(Portugal) (38.596, −9.168) (Benhadi-Marín et al. 2020). 
Since no environmental change was taken into account, the 
number of environmental change steps was set to one. The 
number of dispersal steps was initially 7 years (correspond-
ing to the spread from 2014 to 2021). Short distance disper-
sal followed a dispersal kernel considering the maximum 
distance of potential dispersal estimated by Benhadi-Marín 
et al. (2020) so that:
 where x represents the sequence from 1 to 130 km/year 
(Online Resource: Fig. S1), and k stands for different scenar-
ios of ability to spread. In this work, we used k = 0.25, 0.50, 
0.75, and 0.99, representing very low, low, medium, and 
high spread, respectively (hereafter models 1, 2, 3, and 4, 
respectively). The altitudinal barrier dataset was considered 
kernel = k
x
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of type “strong” and according to our geographical knowl-
edge of the region (geographical extent of plantations and 
climate) was set at 400 m. Furthermore, an exploratory 
analysis using 300 and 500 m, respectively, was conducted, 
dismissing these values due to lack of visual fitting with the 
predicted bioclimatic suitability of Citrus. The cell “age” at 
which it starts to produce propagules was set at one and the 
vector for probabilities associated to each cell age, from its 
initial maturity age to 1 year before full maturity was estab-
lished as [0.6, 0.7, 0.8, and 0.9].
Different drivers are known to facilitate long-range 
dispersal such as low-level jet winds (Irwin and Thresh 
1988). Thus, among the first set of four models, the one 
that best fitted the current observed spread (i.e., the k 
that best approximated the occurrence) was refitted as 
an extra scenario (model 5 hereafter) considering LDEs. 
LDEs were implemented by parameterizing the frequency 
of the events and the minimum and maximum distance at 
which the events should occur. The frequency of LDEs 
was established at 0.01 so that, on average, 1 occupied 
cell in 100 with full propagule production potential will 
generate a LDE. The minimum and maximum distance 
were set at 131 km (since this value must be larger than 
the largest distance of the dispersal kernel) and 500 km 
(approximately the radius of the Iberian Peninsula), 
respectively. Finally, using the selected best k, two more 
runs were conducted for 30 years without LDEs (model 
6) and considering LDEs (model 7).
Results
The best maxent model for the climatic suitability of 
Citrus resulted from the combination of the linear, quad-
ratic, hinge, and product feature classes and β = 1 with an 
estimated AUC = 0.81 ± 0.03 resulting in 16 parameters 
(Online Resource: Table S2). Following Swets (1988), a 
model with an AUC > 0.8 provides good model perfor-
mance. The sensitivity versus specificity curve (ROC) 
for the optimal model is provided at the supplementary 
material (Online Resource: Fig. S1). The most contribut-
ing bioclimatic variable was the minimum temperature of 
the coldest month (Table 1) (Online Resource: Fig. S2). 
The best climatic suitability for Citrus spp. was found to 
follow the circumpeninsular areas of the whole Iberian 
Peninsula, especially the eastern coastal area of Spain, 
entering into inner areas throughout the southern half 
of Portugal (Fig. 1). Also, the whole Balearic islands 
(Spain) were found as optimal areas (Fig. 1).
The first four developed spread models performed 
differently according to the k parameter of the kernel 
(Fig. 2). Regarding the number of occupied cells, a full 
sigmoid growth was only detected in the case of model 4 
(Fig. 3). At the end of the simulation (i.e., 7 time steps), 
only 3.34% of suitable cells were colonized using model 
1, models 2 and 3 predicted 22.00 and 41.10% of suit-
able cells colonized, respectively, whereas model 4 pre-
dicted 71.57% of suitable cells colonized (Fig. 3).The 
area colonized after seven time steps predicted by model 
1 barely extended up to ~ 100 km beyond the entry points 
(Fig. 4a). Model 2 predicted a spread that reached the 
northernmost region of Galicia (northwestern Spain) to 
the north and the districts Setúbal to the south through-
out Portugal (Fig. 4b). Model 3 performed similarly to 
model 2, although the predicted spread reached even the 
southernmost areas of Portugal up to the Algarve region 
(district of Faro) (Fig. 4c). Model 4 showed clear waves 
and significantly extended the predicted spread compared 
to the latter. The front wave reached the province of Mál-
aga (southern Spain), entering relevant citrus cultivation 
areas in Andalusia following the valley of the river Gua-
dalquivir (Fig. 4d). In northern Spain, model 4 predicted 
almost a complete spread over the coastal areas of Spain, 
reaching the Basque Country (close to the frontier with 
France) (Fig. 4d).
Among models 1, 2, 3, and 4, the one that best 
approached the observed distribution of T. erytreae was 
model 2 (k = 0.50) (see Fig. 1) so that model 5 was fit-
ted using the same parameters plus LDEs. Model 5 per-
formed similarly that model 2 (22.37% of suitable cells 
occupied), thus also providing a good overlap with the 
observed distribution of T.erytreae. However, a pool of 
colonized cells throughout the southwestern region of 
Portugal fell out of the occurrence area of T. erytreae 
(Fig. 5a). On the other hand, model 5 was able to predict 
isolated patches across the northern region of Spain and 
inner territories of Portugal (Fig. 5b).
Models 2 and 5 were then run for 30 years becom-
ing models 6 and 7, respectively. After the first 7 years, 
models 6 and 7 consistently differed predicting 72.41 and 
83.93% of suitable cells occupied at the end of the simu-
lation, respectively (Fig. 6a). In the absence of LDEs, 
Table 1  Percent of contribution of each selected bioclimatic driver 





Minimum temperature of the coldest month 53.8
Temperature seasonality (standard deviation × 100) 30.2
Mean temperature of the wettest quarter 9.9
Precipitation seasonality (coefficient of variation) 6.1
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model 6 predicted an area similar to model 4 (Fig. 6b), 
whereas model 7 extended the spread up to mid-eastern 
regions of Spain reaching the province of Alicante and 
entering the citrus cultivation areas of Valencia (eastern 
Spain). Following the Mediterranean coastal line, the 
northernmost colonized cells appeared in the surround-
ing area of Barcelona (northeastern Spain). Among the 
Balearic Islands, the southern half of Ibiza also was pre-
dicted to be colonized. Regarding the northern region, 
model 7 extended the distribution of T. erytreae to the 
easternmost suitable areas reaching the Spanish frontier 
with France (Fig. 6c).
Discussion
We used a cell automaton-based model to predict the 
potential areas occupied by T. erytreae throughout the 
Iberian Peninsula. A previous study by Benhadi-Marín 
et  al. (2020) suggested that physical barriers may be 
involved in the ability of T. erytreae to colonize new 
suitable areas beyond the habitat suitability of the host. 
Hence, here we coupled the altitude and LDEs as a new 
drivers for modeling.
Here we found that the variable that contributed the 
most to the climatic suitability of Citrus was the mini-
mum temperature of the coldest month. The modeled bio-
climatic suitability of the host mostly overlapped with 
the favorable areas found by Benhadi-Marín et al. (2020), 
although the new data and resolution allowed to uncover 
a new fringe of the suitable area extending all over north-
ern Spain covering the north of the Cantabrian mountain 
range till the coastal line. Furthermore, evergreen Cit-
rus trees depend on soil temperature and variations in 
light exposure (see Vincent et al. 2020) corresponding to 
sunny areas of the Iberian Peninsula where chilling and 
frost events are infrequent and mild such as the Medi-
terranean coastal line. However, using the bioclimatic 
suitability of the host as a surrogate for the underlying 
occurrence data of a pest could not be strong enough to 
Fig. 1  Maxent prediction for the climatic suitability of citrus in the Iberian Peninsula. Red areas and dots encompass areas of occurrence of 
Trioza erytreae. Colors represent the gradient of climatic suitability (P)
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predict actual spread patterns accurately. For instance, 
how the crop landscapes are spatially connected, the 
chemical control treatments applied, and the effect of 
natural enemies such as the parasitoid Tamarixia dryi 
(Waterson, 1922; Hymenoptera: Eulophidae) (Cocuzza 
et al. 2017) is crucial to derive accurate predictions on 
the dynamics (i.e., restrictions and corridors) of the pop-
ulations of T. erytreae.
The first set of developed models were parameterized 
to resemble four scenarios of spread velocity consider-
ing high values in terms of the probability of a cell to 
produce propagules, i.e., the species starts to develop 
propagule production after the first time step when 
the cell is colonized. The ability of a cell to produce 
propagules increases linearly to its maximum at the age 
of five time steps, and then it remains at its maximum 
potential till the end of the simulation. In this work, we 
did not focus on the habitat requirements of T. erytreae 
beyond the habitat suitability of the host, a physical 
barrier, and the probability of long-distance dispersal 
events. Among the four scenarios regarding the spread 
velocity (i.e., increasing values of k), the model that best 
Fig. 2  Dispersal kernels used to parameterize the spread models. a k = 0.25; b k = 0.50; c k = 0.75; d k = 0.99
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predicted the current spread of T. erytreae throughout the 
Iberian Peninsula was k = 0.5 plus LDEs. This scenario 
was able to predict the extended population in Asturias 
(northern Spain) and explains isolated populations such 
as the one observed in Chaves (northern Portugal). Using 
this parameterization, a simulation of 30 years of spread 
predicted a potential favorable bioclimatic corridor in 
southernmost areas of Portugal (region of Algarve) 
regardless of LDEs. These areas could represent a way 
of entry of T. erytreae into southern Spanish citrus pro-
duction areas. However, Paiva et al. (2020) suggested 
that water vapor pressure could drive the habitat suit-
ability of T. erytreae. Since this area (Algarve) was found 
to encompass highly unfavorable water vapor pressure 
conditions for T. erytreae, its spread toward southwestern 
Spain may be at some extent delayed or even stopped.
Notwithstanding, LDEs may allow T. erytreae to reach 
suitable areas beyond the latter and continue expanding 
its distribution, reaching the Mediterranean coastal line 
toward Valencia and the Balearic Islands. Long-distance 
dispersal by psyllids has been reported, for example, 
Lewis-Rosenblum et al. (2015) studied the long-range 
dispersal capacity of D. citri and found that the Asian 
citrus psyllid was able to disperse a minimum of 2 km in 
a time lapse of 12 days in the absence of severe weather 
events. Gottwald et  al. (2007) suggested that wind-
assisted dispersal of D. citri could reach up to 145 km in 
the USA, whereas T. erytreae can disperse up to 1.52 km 
within 7 days (van den Berg and Deacon 1988).
In light of our results, we recommend careful and per-
manent monitoring in key areas in Portugal, such as the 
Setúbal district. Moreover, the presence of T. erytreae 
Fig. 3  Performance of the five developed models for the first 7 years 
of spread according to different scenarios of spread velocity (k = 0.25, 
k = 0.50, k = 0.75, k = 0.99) (models 1, 2, 3, and 4, respectively) and 
a scenario including long-distance dispersal events (LDEs) (k = 0.50; 
frequency of LDEs = 0.01; maximum distance for LDEs = 500  km) 
(model 5)
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has been recently detected in the provinces of Asturias, 
Cantabria, and the Basque Country in 2020 in northern 
Spain in lemon (Citrus limon) and orange trees (Citrus 
sinensis) (EPPO 2020). This suggests a potential risk of 
spread toward eastern provinces such as Navarra, Huesca, 
and Lérida (Fig. 6c), although the altitudinal physical 
barrier could prevent this expansion to the Mediterranean 
areas following the Ebro river valley. Although it has 
been suggested that spread throughout the Mediterra-
nean coast could be slow (see Cocuzza et al. 2017), these 
areas, such as the Levante region, could be reached by 
the advance by the south, so that the province of Huelva 
(southwestern Andalusia) also deserves a strong monitor-
ing effort. Finally, the Balearic islands encompass a lot 
of lemon trees in parks and especially in private gardens. 
In addition, the great amount of import of plant material 
for hotels and apartments, and a suitable climate may 
facilitate the entering and settlement of T. erytreae.
In conclusion, models including LDEs predicted simi-
lar percentages of spread than models without LDEs, 
although LDEs generated different spatial patterns, fur-
ther extending the colonized areas and explaining better 
the current distribution of T. erytreae. Our approach sug-
gests that at least two key areas in the Iberian Peninsula 
Fig. 4  Simulated spatiotemporal evolution during the first 7  years 
of the spread of Trioza erytreae since its introduction in 2014 in the 
Iberian Peninsula according to different scenarios of spread veloc-
ity. a k = 0.25 (model 1). b k = 0.50 (model 2). c k = 0.75 (model 3). 
d k = 0.99 (model 4). Blue dots represent the two initial entry points
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deserve special monitoring efforts, the citrus growing 
areas of Setubal (Portugal) and Huelva (Spain) and the 
potential corridors that could connect Guipúzcoa with 
the Ebro valley (Spain). Nevertheless, continuous moni-
toring in citrus orchards currently not invaded by T. 
erytreae is also mandatory to prevent or manage acci-
dental long-distance introduction events. Future spread-
based models should consider information related to 
accurate data on the bioecology of T. erytreae such as 
potential spread limitations derived from unfavorable 
water vapor pressure areas and consider the effect of 
predators, parasitoids, fungi, and chemical control. For 
example, biological control measures such as the mass 
release of the specific parasitoid T. dryi (Cocuzza et al. 
2017) and the natural limitation derived from preda-
tors such as spiders, chrysopids, coccinellids, and syr-
phids (van den Berg et al. 1987) could reduce or even 
stop the development of T. erytreae. On the other hand, 
anthropogenic drivers such as terrestrial communication 
nets including highways and major plant trade nodes, 
may play a role favoring accidental human-based long-
distance dispersal events. In addition, there is no infor-
mation available on the ability of T. erytreae to move 
passively long distances through the planetary boundary 
layer of the atmosphere with the help of low-level jet 
winds. This long distance dispersal has been reported 
several times for aphids (Parry, 2013) and could also 
facilitate the spread of T. erytreae across the Iberian Pen-
insula. We hope the parameters and simulation informa-
tion derived from this work encourage further modeling 
efforts to allow making efficient pest management rec-
ommendations toward monitoring and prevention of crop 
losses due to T. erytreae and HLB.
Fig. 5  a Simulation of the spatiotemporal evolution during the first 
7 years of the spread of Trioza erytreae since its introduction in 2014 
in the Iberian Peninsula considering long-distance dispersal events 
(LDEs), k = 0.50; frequency of LDEs = 0.01; maximum distance for 
LDEs = 500 km (model 5). b Detail of long dispersal events through-
out the northwestern region of the Iberian Peninsula using model 5. 
In a and b, blue dots represent the two initial entry points. In a, the 
red polygons and red dots encompass current areas of occurrence of 
Trioza erytreae. In b, red arrows indicate LDEs
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Fig. 6  Performance of the two 
developed models for 30 years 
of spread (k = 0.50) with and 
without long-distance disper-
sal events (LDEs) (k = 0.50; 
frequency of LDEs = 0.01; 
maximum distance for 
LDEs = 500 km). a Percent-
age of suitable cells occupied 
along time. b Predicted spread 
of Trioza erytreae throughout 
the Iberian Peninsula without 
LDEs (model 6). c Predicted 
spread of T. erytreae throughout 
the Iberian Peninsula consider-
ing LDEs (model 7). Blue dots 
represent the two initial entry 
points. Red circles indicates the 
key suggested areas encompass-
ing Setúbal (Portugal) (dotted 
line), the Ebro river valley 
(Spain) (continuous line), and 
Huelva (Spain) (dashed line)
Journal of Pest Science 
1 3
Authors' contributions
J.A.P., J.B.-M., and A.F. conceived the idea, J.B.-M. devel-
oped the models, J.B.-M. and J.A.P. prepared the figures, and 
all authors contributed to writing and reviewing the paper. 
All authors have read and agreed to the published version 
of the manuscript.
Supplementary Information The online version contains supplemen-
tary material available at https:// doi. org/ 10. 1007/ s10340- 021- 01440-w.
Funding The authors are grateful to the Foundation for Science and 
Technology (FCT, Portugal), for financial support through national 
funds FCT/MCTES to CIMO (UIDB/00690/2020) and to the project 
PRE-HLB-Preventing HLB epidemics for ensuring citrus survival in 
Europe (H2020-SFS-2018–2 Topic SFS-05–2018-2019–2020, proj. 
No. 817526).
Availability of data and material Data are available from the authors 
upon reasonable request.
Code availability The code used to perform the simulations and figures 
is available from the authors upon reasonable request.
Declarations 
Conflict of interest The authors declare no conflict of interest.
References
Aidoo OF, Tanga CM, Mohamed SA et al (2019) Distribution, degree 
of damage and risk of spread of Trioza erytreae (Hemiptera: Tri-
ozidae) in Kenya. J Appl Entomol 143:822–833
Ajene IJ, Khamis F, van Asch B, Pietersen G, Rasowo BA, Ekesi S, 
Mohammed S (2020) Habitat suitability and distribution poten-
tial of Liberibacter species (“Candidatus Liberibacter asiaticus” 
and “Candidatus Liberibacter africanus”) associated with citrus 
greening disease. Divers Distrib 26:575–588. https:// doi. org/ 10. 
1111/ ddi. 13051
Antolinez CA, Moyneur T, Martini X, Rivera MJ (2021) High tempera-
tures decrease the flight capacity of Diaphorina citri Kuwayama 
(Hemiptera: Liviidae). Insects 12:394. https:// doi. org/ 10. 3390/ 
insec ts120 50394
Aubert B, Quilici S (1983) Biological control of psyllids in Reunion 
Island with newly established chalcid hymenopterous parasitoids. 
Fruits D’outre Mer 38:771–780
Bayles BR, Thomas SM, Simmons GS, Grafton-Cardwell EE, Daugh-
erty MP (2017) Spatiotemporal dynamics of the Southern Cali-
fornia Asian citrus psyllid (Diaphorina citri) invasion. PLoS ONE 
12(3):e0173226. https:// doi. org/ 10. 1371/ journ al. pone. 01732 26
Benhadi-Marín J, Fereres A, Pereira JA (2020) A model to predict the 
expansion of Trioza erytreae throughout the Iberian Peninsula 
using a pest risk analysis approach. Insects 11:576. https:// doi. 
org/ 10. 3390/ insec ts110 90576
BOC (2020) Boletín Oficial de Cantabria. Resolución para la declar-
ación de la existencia de la Psila Africana de los cítricos (Trioza 
erytreae del Guercio) en Cantabria y para la adopción de las medi-
das para su erradicación y control. Consejería de Desarrollo Rural, 
Ganadería, Pesca, Alimentación y Medio Ambiente. Gobierno de 
España. 3 pp. Available at: https:// boc. canta bria. es/ boces/ verAn 
uncio Action. do? idAnu Blob= 353450. Accessed 20 Oct 2020
Bové JM (2006) Huanglongbing: a destructive, newly-emerging cen-
tury-old disease of Citrus. J Plant Pathol 88:7–37
Cocuzza GEM, Urbaneja A, Hernández-Suárez E, Siverio F, Di Sil-
vestro S, Tena A, Carmelo R (2017) A review on Trioza erytreae 
(African citrus psyllid), now in mainland Europe, and its poten-
tial risk as vector of huanglongbing (HLB) in citrus. J Pest Sci 
90:1–17
Di Cola V, Broennimann O, Petitpierre B, Breiner FT, D’Amen M, 
Randin C, Engler R, Pottier J, Pio D, Dubuis A, Pellissier L, 
Mateo RG, Hordijk W, Salamin N, Guisan A (2017) ecospat: an 
R package to support spatial analyses and modeling of species 
niches and distributions. Ecography 40:774–787. https:// doi. org/ 
10. 1111/ ecog. 02671
DGAV (2016–2021) (Direção Geral de Alimentação e Veterinária). 
http:// www. dgv. minag ricul tura. pt/ portal/ page/ portal/ DGV/ gener 
icos? gener ico= 22191 1& cboui= 221911. Accessed 6 Aug 2020
Engler R, Guisan A (2009) MIGCLIM: predicting plant distribution 
and dispersal in a changing climate. Divers Distrib 15:590–601. 
https:// doi. org/ 10. 1111/j. 1472- 4642. 2009. 00566.x
Engler R, Hordijk W, Guisan A (2012) The MIGCLIM R package—
seamless integration of dispersal constraints into projections of 
species distribution models. Ecography 35:872–878. https:// doi. 
org/ 10. 1111/j. 1600- 0587. 2012. 07608.x
EPPO (2020) EPPO Global Database. Update of the situation of Tri-
oza erytreae in Spain. https:// gd. eppo. int/ repor ting/ artic le- 6842. 
Accessed 23 Feb 2021
Feng X, Park DS, Liang Y, Pandey R, Papeş M (2019) Collinearity in 
ecological niche modeling: confusions and challenges. Ecol Evol 
9:10365–10376. https:// doi. org/ 10. 1002/ ece3. 5555
Fick SE, Hijmans RJ (2017) WorldClim 2: new 1km spatial resolution 
climate surfaces for global land areas. Int J Climatol 37(12):4302–
4315. https:// doi. org/ 10. 1002/ joc. 5086
Gallien L, Münkemüller T, Albert C, Boulangeat I, Thuiller W (2010) 
Predicting potential distributions of invasive species: where to go 
from here? Divers Distrib 16:331–342. https:// doi. org/ 10. 1111/j. 
1472- 4642. 2010. 00652.x
GBIF.org (2020) GBIF Occurrence Download (Citrus L.). https:// doi. 
org/ 10. 15468/ dl. hcnvjb Accessed 17 Oct 2020
GBIF (2020) The global biodiversity information facility. What 
is GBIF? Available from: https:// www. gbif. org/ what- is- gbif. 
Accessed 20 Oct 2020
Gottwald TR, DaGraça JV, Bassanezi RB (2007) Citrus Huanglong-
bing: Tthe pathogen and its impact. Plant Management Network. 
Plant Health Progress. Available from: http:// www. plant manag 
ement netwo rk. org/ pub/ php/ review/ 2007/ huang longb ing Accessed 
16 July 2021
Hijmans RJ, Phillips S, Leathwick J, Elith J (2017) dismo: Species 
distribution Modeling. R package, version 1.1–4. Available from: 
https:// CRAN.R- proje ct. org/ packa ge= dismo Accessed 17 Oct 
2020
Irwin ME, Thresh JM (1988) Long-range aerial dispersal of cereal 
aphids as virus vectors in North America. Philos Trans R Soc 
Lond B Biol Sci 321(1207):421–446. https:// doi. org/ 10. 1098/ rstb. 
1988. 0101
Kobori Y, Nakata T, Ohto Y, Takasu F (2011) Dispersal of adult Asian 
citrus psyllid, Diaphorina citri Kuwayama (Homoptera: Psylli-
dae), the vector of citrus greening disease, in artificial release 
experiments. Appl Entomol Zool 46:27–30. https:// doi. org/ 10. 
1007/ s13355- 010- 0004-z
Lewis-Rosenblum H, Martini X, Tiwari S, Stelinski LL (2015) Sea-
sonal movement patterns and long-range dispersal of Asian citrus 
psyllid in Florida Citrus. J Econ Entomol 108(1):3–10. https:// doi. 
org/ 10. 1093/ jee/ tou008
 Journal of Pest Science
1 3
Merow C, Smith MJ, Silander JA (2013) A practical guide to Maxent 
for modeling species’ distributions: What it does, and why inputs 
and settings matter. Ecography 36:1058–1069. https:// doi. org/ 10. 
1111/j. 1600- 0587. 2013. 07872.x
Moran VC (1968) Preliminary observations on the choice of host plants 
by adults of the citrus psylla, Trioza erytreae (Del Guercio) (Hom-
optera: Psyllidae). J Ent Soc Sth Afr 31(2):403–410
Muscarella R, Galante PJ, Soley-Guardia M et al (2014) ENMeval: 
an R package for conducting spatially independent evaluations 
and estimating optimal model complexity for Maxent ecological 
niche models. Methods Ecol Evol 5:1198–1205. https:// doi. org/ 
10. 1111/ 2041- 210X. 12261
Narouei-Khandan HA, Halbert SE, Worner SP, van Bruggen AHC 
(2016) Global climate suitability of citrus huanglongbing and 
its vector, the Asian citrus psyllid, using two correlative spe-
cies distribution modeling approaches, with emphasis on the 
USA. Eur J Plant Pathol 144:655–670. https:// doi. org/ 10. 1007/ 
s10658- 015- 0804-7
Paiva PEB, Cota T, Neto L et al (2020) Water vapor pressure deficit 
in Portugal and implications for the development of the invasive 
African citrus psyllid Trioza erytreae. Insects 11:229. https:// doi. 
org/ 10. 3390/ insec ts110 40229
Parry HR (2013) Cereal aphid movement: general principles and simu-
lation modelling. Mov Ecol 1(1):1–15. https:// doi. org/ 10. 1186/ 
2051- 3933-1- 14
Pérez-Otero R, Mansilla JP, del Estal P (2015) Detección de la psila 
africana de los cítricos, Trioza erytreae (Del Guercio, 1918) 
(Hemiptera: Psylloidea: Triozidae), en la Península Ibérica. 
Arquivos Entomolóxicos 13:119–122
Peterson AT (2005) Predicting potential geographic distributions of 
invading species. Curr Sci 89(1):1–9
Phillips SJ, Anderson RP, Schapire RE (2006) Maximum entropy mod-
eling of species geographic distributions. Ecol Model 190:231–
259. https:// doi. org/ 10. 1016/j. ecolm odel. 2005. 03. 026
R Core Team (2019) R: a language and environment for statistical com-
puting, R Foundation for Statistical Computing. Vienna, Austria. 
http:// www.R- proje ct. org. Accessed 20 Oct 2020
Reuter HI, Nelson A, Jarvis A (2007) An evaluation of void filling 
interpolation methods for SRTM data. Int J Geogr Inform Sci 
21(9):983–1008. https:// doi. org/ 10. 1080/ 13658 81060 11698 99
Sakamaki Y (2005) Possible migration of the Asian citrus psyllid, 
Diaphorina citri Kuwayama (Homoptera: Psyllidae) between and 
within islands. Occas Pap Kagoshima Univ Res Cent 42:121–125
Sing T, Sander O, Beerenwinkel N, Lengauer T (2005) ROCR: visual-
izing classifier performance in R. Bioinformatics 21(20):3940–
3941. https:// doi. org/ 10. 1093/ bioin forma tics/ bti623
Singerman A, Rogers ME (2020) The economic challenges of dealing 
with citrus greening: the case of Florida. J Integr Pest Manag 11:3. 
https:// doi. org/ 10. 1093/ jipm/ pmz037
SIOSE (2020) Sistema de Información sobre Ocupación del Suelo de 
España. Plan Nacional de Observación del Territorio. Dirección 
General del Instituto Geográfico Nacional. Centro Nacional de 
Información Geográfica. Instituto Geográfico Nacional. Minis-
terio de Transportes, Movilidad y Agenda Urbana. Gobierno de 
España. https:// www. siose. es/. Accessed 20 Oct 2020
Swets JA (1988) Measuring the accuracy of diagnostic systems. Sci-
ence 240:1285–1293. https:// doi. org/ 10. 1126/ scien ce. 32876 15
Tomaseto AF, Krunger R, Lopes JRS (2016) Effect of plant barriers 
and citrus leaf age on dispersal of Diaphorina citri (Hemiptera: 
Liviidae). J Appl Entomol 140:91–102. https:// doi. org/ 10. 1111/ 
jen. 12249
Urbaneja-Bernat P, Hernández-Suárez E, Urbaneja A, Tena A (2020) 
Preventive measures to limit the spread of Trioza erytreae (Del 
Guercio) (Hemiptera: Psyllidae) in mainland Europe. J Appl Ento-
mol 144:553–559. https:// doi. org/ 10. 1111/ jen. 12771
Václavík T, Kanaskie A, Hansen EM, Ohmann JL, Meentemeyer RK 
(2010) Predicting potential and actual distribution of sudden 
oak death in Oregon: prioritizing landscape contexts for early 
detection and eradication of disease outbreaks. For Ecol Manag 
260:1026–1035. https:// doi. org/ 10. 1016/j. foreco. 2010. 06. 026
van den Berg MA, Deacon VE, Fourie CJ, Anderson SH (1987) Preda-
tors of the citrus psylla, Trioza erytreae (Hemiptera: Triozidae), in 
the Lowveld and Rustenburg areas of Transvaal. Phytophylactica 
19:285–289
van den Berg MA, Deacon VE (1988) Dispersal of the citrus psylla, 
Trioza erytreae (Hemiptera:Triozidae), in the absence of its host 
plants. Phytophylactica 20:361–368
Vincent C, Morillon R, Arbona V, Gómez-Cadenas A (2020) Chap-
ter 13—Citrus in changing environments. In: Talon M, Caruso 
M, Gmitter FG (eds) The Genus Citrus. Woodhead Publishing, 
UK, pp 271–289. https:// doi. org/ 10. 1016/ B978-0- 12- 812163- 4. 
00013-9.
Xunta de Galicia (2017) Diario Oficial de Galicia, 119; Galician Gov-
ernment (Xunta de Galicia): Santiago de Compostela, Spain, p 10
Xunta de Galicia (2019) Plan de acción para la erradicación y control 
de Trioza erytreae en la comunidad autónoma de Galicia. Con-
sellería do Medio Rural; Galician Government (Xunta de Galicia): 
Santiago de Compostela, Spain, p 21.
Zorzenon FPF, Tomaseto AF, Daugherty MP, Lopes JRS, Miranda 
MP (2021) Factors associated with Diaphorina citri immigration 
into commercial citrus orchards in São Paulo State, Brazil. J Appl 
Entomol 145:326–335
Publisher's Note Springer Nature remains neutral with regard to 
jurisdictional claims in published maps and institutional affiliations.
